1. Species diversity is affected by processes operating at multiple spatial scales, although the most relevant scales that contribute to compositional variation and the temporal shifts of the involved mechanisms remain poorly explored. We studied spatial patterns of phytoplankton, rotifers and microcrustacean diversity across scales in a river floodplain system of the Danube in Austria under contrasting hydrological conditions (post-flood versus low water level).
| INTRODUCTION
Understanding the spatial distribution of species diversity is a major topic in ecology, and its relevance is enhanced under the current scenario of habitat alteration, fragmentation and progressive diversity loss (Gaston, 2000; McGill, Dornelas, Gotelli, & Magurran, 2015; Pinel-Alloul et al., 2013) . The total species diversity in a certain region (c-diversity) can be split into the number of species from a local community (a-diversity) and the species turnover (b-diversity), which represents the variation in species composition among localities within the region (Whittaker, 1972) . Measures of species diversity, including b-diversity, are dependent on the spatial scale considered. One reason for this is that environmental factors that affect species distribution have a different range of variation in space: some variables show large variation at small spatial extents and can cause high species turnover in small areas, while others change at larger scales and then associated turnover can only be detected at large spatial extent (Borcard, Legendre, Avois-Jacquet, & Tuomisto, 2004; Declerck, Coronel, Legendre, & Brendonck, 2011; Levin, 1992) . Dispersal of individuals strongly influences species distribution and their relationship with the local environment and varies with the spatial scale Leibold et al., 2004; Ng, Carr, & Cottenie, 2009) . At intermediate scales, where moderate dispersal rates are likely to occur, most individuals are able to reach suitable sites and local environmental factors would be the most important in shaping communities composition, supporting the species sorting metacommunity model (Heino, Melo, Siqueira, et al., 2015) . In this scenario, a positive relation between b-diversity and environmental heterogeneity can be detected, because an increase in the latter incorporates an increase in the variety of environmental conditions to which different species are adapted, hence producing greater variation in species composition among localities within a region Leibold et al., 2004) . At small spatial extent, high dispersal rates can lead to mass effects, where the continuous dispersal of organisms from favourable "source" sites determines the presence of species in unfavourable "sink" sites, thus homogenising the communities. Conversely, at broader scales, dispersal limitation is more likely to occur, preventing a large proportion of individuals of reaching favourable sites and provoking a high b diversity (Heino, Melo, Siqueira, et al., 2015) . Both mass effects and dispersal limitation weaken the match between local communities and environmental conditions and produce significant spatial structuring of the communities (Ng et al., 2009 ), thus making it hard to differentiate their effects in field studies. One useful strategy to disentangle them is to focus on nested spatial scales, where significant effects at small spatial extent would represent mass effects and significant effects at large spatial extent would suggest dispersal limitation (Dray et al., 2012; Heino, Soininen, Alahuhta, Lappalainen, & Virtanen, 2016) .
Riverine floodplains host exceptionally high biodiversity attributed to high spatial and temporal heterogeneity (Junk, Bayley, & Sparks,1989; Tockner & Stanford, 2002) . Here, the distinct habitats are hierarchically arranged in space, which allows studying nested spatial patterns of diversity (Tockner, Lorang, & Stanford, 2010; Ward, Tockner, Arscott, & Claret, 2002) . Understanding the various mechanisms that shape species distribution is especially challenging in these dynamic systems, because local environmental conditions and habitat connectivity (which affects dispersal) are associated with the discharge regime of the river and vary continuously (Datry, Bonada, & Heino, 2016; Fernandes, Henriques-Silva, Jerry, Jansen, & Peres-Neto, 2014) . In high water periods, the connectivity between environments increases, enhancing the exchange of sediment, minerals, substrates and organisms between different habitats (Thomaz, Bini, & Bozelli, 2007) . In periods of low water, habitats are isolated from each other and from the main river channel and b-diversity increases over time (Bozelli, Thomaz, Padial, Lopes, & Bini, 2015; Lansac-Toha, Meira, Segovia, Lansac-Toha, & Velho, 2016) .
We studied spatial patterns of phytoplankton, rotifer and microcrustacean zooplankton (copepods, cladocerans) diversity in contrasting hydrological conditions (post-flood, low water level) in a river floodplain system of the Danube River in Austria. The three taxonomic groups differ in body size, life cycle, sensitivity to environmental conditions and mobility and may exhibit different spatial patterns (De Bie et al., 2012; Padial et al., 2014) . Rotifers are small and have short development times and fast population recovery from flushing effects, whereas larger microcrustaceans with longer growth rates are more sensitive to floods (Baranyi, Hein, Holarek, Keckeis, & Schiemer, 2002; Chaparro, Fontanarrosa, Schiaffino, de Tezanos Pinto, & O'Farrell, 2014; Costa Bonecker, Da Costa, Machado Velho, & Lansac-Toha, 2005 ).
We used a multiscale approach: (1) habitats of different vegetation types, which represent a main source of environmental heterogeneity within water sections and a main driver for community composition (Thomaz & Ribeiro Da Cunha, 2010) ; (2) water sections within floodplain wetlands, along a gradient of lateral connectivity with the main channel, which determines main local environmental conditions affecting studied communities (e.g., turbidity, flow, nutrients, macrophyte cover) and dispersal potential (Thomaz et al., 2007) ; (3) three wetlands (distinct segments of the floodplain) located within the Donau-Auen National Park river stretch, in a free-flowing section of the Danube River in Austria that constituted the regional scale in this study.
The aims of this study were as follows: (1) ) was given the status of a national park in 1996 (Schiemer, Baumgartner, & Tockner, 1999 ) Donau-Auen National Park (Figure 1a) . Following side-arm restoration, the national park contains sections of differing hydrological connectivity, ranging from predominantly lentic waterbodies to areas of intermediate and high connectivity with the river main channel. It is among the last remnants of river-floodplain systems in Central Europe (Schiemer et al., 1999; Tockner, Schiemer, & Ward, 1998 (Figure 1b ). Detailed characterisation of these wetlands (environmental conditions and hydrological connectivity patterns) can be found in previous studies (Baart, Gsch€ opf, Blaschke, Preiner, & Hein, 2010; Hein, Baranyi, Reckendorfer, & Schiemer, 2004) .
| Hierarchical sampling
We sampled phyto-and zooplankton communities in the national park at three nested spatial scales ( (mostly species, genus in a few cases) using specialised literature (Einsle, 1993; Fl€ ossner, 2000; Koste, 1978) under microscope. Rotifers were counted using 1-ml Sedgwick-Rafter chambers under microscope and microcrustaceans using 5-ml Bogorov chambers under stereomicroscope. In all cases, we refer to the identified taxa as species.
| Environmental variables
Water temperature, pH, conductivity and dissolved oxygen (the latter only in the first sampling) were measured in situ in each sampling site using HQ40d Hach â portable meter, water depth with a wooden meter and flow velocity with a Flo-Mate 2000 (Marsh-Mc Birney). Water samples were collected and immediately filtered using pre-combusted GF/F (Whatman) fibreglass filters for dissolved nutrients, total dissolved organic carbon (DOC) and suspended solids (SS)
analyses. Soluble reactive phosphorus was determined by the ascorbic acid reduction method, ammonium by the automated indophenol blue method and nitrate by the automated hydrazine reduction method (Eberlein & Kattner, 1987; Ivancic & Deggobis, 1984; Kempers & Luft, 1988 ) using a continuous flow analyser (CFA; Systea Analytical Technology) (ISO 13395:1996; ISO 15681-2 ). An aliquot of 30 ml filtered sample was acidified 3% v/v using 2 M HCl, and DOC was analysed using a Sievers 900 Portable TOC Analyzer (GE Analytical Instruments). To determine SS, 100-1,000 ml of water were filtered through pre-combusted GF/F filters and determined gravimetrically after drying at 103-105°C until constant weight (American Public Health Association 2005). Samples for chlorophyll-a were filtered through Whatman GF/C filters and stored at À20°C
for 24 hr, homogenised with a Polytron mixer (PT 1600E) and extracted with 5 ml cold 90% acetone overnight. After centrifugation (1370 G, 20 min), chlorophyll-a content was determined spectrophotometrically (Jeffrey & Humphrey, 1975; Lorenzen, 1967) .
| Spatial factors
The spatial configuration of the sampling sites was represented by two components: the section component, describing the spatial relationships among the water sections within each wetland, and the wetland component representing wetland identity using dummy variables. The section component consisted of Moran's eigenvector maps, which produce orthogonal spatial variables derived from geographic coordinates of the sampling sites . The eigenvector map variables were arranged in blocks, each block corresponding to one wetland, using the function create.MEM.model provided by Declerck et al. (2011) . A forward selection procedure (permutation test with 999 simulations) was applied to select for significant section and wetland variables (p < .05) for each community data set (phytoplankton, rotifers and microcrustaceans) and hydrological condition using the R package packfor (Dray, 2013) . Selected variables were included in our analyses as spatial predictors.
| Data analyses
The environmental variables water depth, SS, DOC, soluble reactive phosphorus, nitrate and ammonium in both years and flow velocity in 2014 were cubic root-transformed to normalise their distribution.
All environmental variables were standardised with the range method using the function decostand in the R package vegan (Oksanen et al., 2013) .
Species accumulation curves for each taxonomic group were drawn for each sampling time to check the representativeness of the regional diversity in the national park, using the function specaccum in the R package vegan (Oksanen et al., 2013) . Diversity was partitioned into local species richness (number of species) at each sampling site (a), species turnover between habitats within sections (b1), species turnover between sections within wetlands (b2) and species turnover between wetlands (b3). The regional (national park) diversity was expressed as follows: c = a + b1 + b2 + b3. 
| RESULTS
The selected sampling sites covered a broad range of environmental conditions in both post-flood and low water level conditions (Table 1) Figure S1 ).
The additive partitioning of diversity showed similar results for the studied groups and no major differences between post-flood and low water level conditions: b2 (between sections) and b3 (between wetlands) were the major contributors, followed by a, while b1 (between habitats) was always the smallest contributor. Null model analyses showed that b1 and b2 were lower than expected by chance in most cases (p < .05; Figure 3 ), suggesting rather homogeneous The results of variation partitioning based on presence-absence data showed that, during post-flood conditions, environmental variables selected for each community were spatially structured especially at the section scale, as depicted by high amount of the shared environment-section fraction (Figure 5a-c) . No significant pure effects were detected for phytoplankton. Pure environmental and pure section effects were significant and explained similar amounts of variation in rotifers (5% and 7%, respectively) and microcrustaceans (8% and 5%, respectively); pure wetland effects were T A B L E 1 Summary of the environmental parameters measured in the three wetlands in post-flood and low water level conditions. DOC, dissolved organic carbon; SD, standard deviation; CV, coefficient of variation; NA, not available | 385 significant only for rotifers, accounting for 4% of the variation. In low water level, environmental conditions were not spatially structured, except for rotifers at the wetland scale. Pure environmental and pure section effects were significant and respectively explained 9% and 11% of the variation in phytoplankton, 12% and 10% in rotifers and 7% and 3% in microcrustaceans.
The variation partitioning based on abundance data showed, in post-flood conditions, stronger environmental effects for all groups when compared to presence-absence data, though spatial effects (section + wetland) were very important in all cases (Supporting information). Similar results were obtained for phytoplankton in low water level conditions, with stronger environmental effects compared to the presence-absence data and similar contribution by environmental and spatial factors. It was not possible to perform the variation partitioning based on rotifer and microcrustacean abundances under low water level conditions because of lack of significant variables for at least two of the three groups of factors (only section variables were selected for rotifers and only environmental variables for microcrustaceans).
| DISCUSSION
Species diversity is affected by processes operating at multiple spatial scales (Leibold et al., 2004) , although the most relevant scales that contribute to compositional variation and the temporal shifts of the involved mechanisms are still to be identified (Datry et al., 2016; Dray et al., 2012; Heino et al., 2016) .
We identified b-diversities at intermediate (between sections) and broad (between wetlands) scales as the most relevant components for phytoplankton, rotifer and microcrustacean regional diversities in riverine floodplains of the Danube during contrasting hydrological conditions. The between-sections scale comprised the gradient of hydrological connectivity of the floodplain habitats with the river, which is one of the most remarkable features of these systems, because it largely influences local environmental conditions that affect communities (Heiler, Hein, Schiemer, & Bornette, 1995; Tockner, Malard, & Ward, 2000) . Depending on the hydrological connectivity with the river, floodplain habitats range from lotic, turbid, rather disconnected from each other despite restoration measures (Schiemer et al., 1999; Tockner et al., 1998) . Habitat fragmentation together with environmental heterogeneity at the broad betweenwetlands scale might have contributed to the high values of b3 despite relatively short distances among these three wetlands. The finest between-habitats scale comprised very distinct habitats, including open water areas and vegetated patches with distinct macrophyte life forms that were expected to provide differential niches regarding environmental conditions, refuge area and food availability (Ferreiro, Giorgi, & Feijoo, 2013; Thomaz & Ribeiro Da Cunha, 2010; Warfe & Barmuta, 2004) . A shift from primarily epiphytic and littoral species in macrophyte stands to pelagic phyto-and zooplankton taxa in open waters was reported in previous studies (Avigliano, Vinocur, Chaparro, Tell, & Allende, 2014; Chaparro, Kandus, & O'Farrell, 2015; Duggan, Green, Thompson, & Shiel, 2001 ; Jos e de Paggi et al., 2012) . At the same time, these habitats are well connected and comprise one waterbody (section). This counteracted expectation related to the strong community shaping role of macrophyte stands, as we found low environmental heterogeneity coupled with low b1-diversity values at this scale. This indicated that both environment and plankton communities were similar between different habitats within sections. Although our sampling collection method is especially suitable for shallow vegetated waterbodies (Paggi et al., 2001) , an additional effect of possible undersampling specialised species in each habitat cannot be fully excluded.
Few studies have previously examined spatial patterns of diversity across spatial scales in floodplains. Simões et al. (2013) studied zooplankton diversity in floodplains from the Upper Paran a River, Matsuda et al. (2015) analysed ostracod diversity, and Dittrich, Deo Dias, Costa Bonecker, Lansac-Tôha, and Padial (2016) analysed different communities in the same system. In general, our findings agree with their results and highlight the great relevance of the between-sections scale, where species replacement in space is detected even in scenarios of high connectivity, such as during flooding and after flood pulses. However, the stability of the general patterns we found under contrasting hydrological conditions implies that floods have no instantaneous effect on the communities and that spatial structuring acts rather at longer time scales for the plankton biodiversity in these wetland systems.
While the significance of local environmental conditions and niche differences of species have been a central topic in studies on communities from riverine floodplains, spatial mechanisms were only recently considered and proved to be important for different communities, including molluscs, fish and macroinvertebrates (Fernandes et al., 2014; Funk, Schiemer, & Reckendorfer, 2013; Padial et al., 2014; Tonkin, Stoll, J€ ahnig, & Haase, 2016) . In our study, both local environmental and spatial processes were important in structuring phytoplankton, rotifer and microcrustacean communities, supporting the idea of a continuum between different mechanisms influencing community assembly (Logue, Mouquet, Hannes, & Hillebrand, 2011) .
The comparison between post-flood and low water level conditions revealed little temporal shifts in the relative importance of local and spatial factors, which were linked to the discharge regime of the river (Datry et al., 2016; Fernandes et al., 2014) . Relevant environmental factors were spatially structured in post-flood conditions especially between sections, suggesting flood-driven homogenisation within the wetlands. In low water level, spatial structuring decreased leading to enhanced relevance of pure environmental factors for phytoplankton and rotifers. Regarding microcrustaceans, the overall very low explained variability implies that other than measured variables influence their composition during low water level periods.
Although a recent study has shown an increase in the importance of environmental and spatial predictors to explain the distribution of microorganisms in the low water period , previous studies in floodplains from the Danube found that, during periods of low water level and long residence time, biotic interactions gained relevance over abiotic factors (Baranyi et al., 2002) . Predation by zooplanktivorous fish is a main driving factor for zooplankton communities, especially affecting microcrustaceans (Sinistro, 2010) .
Although there are no available data about predation pressure on zooplankton for these floodplains, their potential role cannot be discarded.
Variation partitioning based on abundance data showed similar general patterns; the overall higher explained variability and higher relevance of pure environmental factors than those obtained with analyses based on presence-absence data indicate a better explanation of the relationship between community composition and their habitats, which is a frequent pattern in metacommunities (Anderson et al., 2011; Heino, 2014) .
Previous studies from the Upper Paran a floodplains suggested the main drivers of community composition remained through the hydrological temporal variability (Dittrich et al., 2016; Padial et al., 2014) . In the Danube River, floods occurring almost every year reach most of the aquatic habitats within the floodplain wetlands at moderate frequencies (Reckendorfer et al., 2006) . In fact, although our sampling design covered different connectivity conditions of the sampling sites, several floods took place in between our sampling period and attenuated the differences and accounted for the similar patterns registered in both periods. Floods might not only transport and homogenise active communities, but also the resting stages deposited in sediments (Simões et al., 2013 ; Van ı ckov a, Seda, Mach a cek, & Petrusek, 2011). Resting stages are extremely abundant and diverse in floodplain habitats (Shiel, Green, & Tan, 2001) and are an important source of organisms that contribute to phytoand zooplankton dynamics (Jenkins & Boulton, 2003; Reynolds & Descy, 1996) and are considered to act as a system memory (Dittrich et al., 2016) . This supports the implications of our findings 
